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Although previous literature suggests that writing practice facilitates neural specialization
for letters, it is unclear if this facilitation is driven by the perceptual feedback from the act
of writing or the actual execution of the motor act. The present study addresses this issue
by measuring the change in BOLD signal in response to hand-printed letters, unlearned
cursive letters, and cursive letters that 7-year-old children learned actively, by writing,
and passively, by observing an experimenter write. Brain activation was assessed using
fMRI while perceiving letters—in both cursive and manuscript forms. Results showed that
active training led to increased recruitment of the sensori-motor network associated with
letter perception as well as the insula and claustrum, but passive observation did not. This
suggests that perceptual networks for newly learned cursive letters are driven by motor
execution rather than by perceptual feedback.
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INTRODUCTION
THE LINK BETWEEN READING ANDWRITING
The ability to read and write is essential for success in today’s
society. As such, children begin learning these skills from a very
early age. One of the first steps in learning to read is mastering
letter recognition. Performance in letter recognition during this
early stage has been shown to be predictive of children’s liter-
ary success. For example, preschoolers’ speed and accuracy when
naming letters and the presence of delays in letter recognition
have both been shown to predict reading skill (O’Connor and
Jenkins, 1999; Lonigan et al., 2000; Stage et al., 2001). Just as let-
ter identification has been linked to reading, writing abilities have
been linked to cognitive processes including spelling (Berninger
et al., 1998), text generation while composing (e.g., Berninger
et al., 1991, 1992, 1994; Graham et al., 1997; Connelly et al.,
2006), and the note-taking process (Peverly, 2006). Several stud-
ies have also shown interesting relationships between learning to
write and improved word reading (e.g., Berninger et al., 1997,
2004, 2006; Dunn and Miller, 2009) and between writing abili-
ties and the efficiency in learning a pseudoletter (Richards et al.,
2011). Other studies have also shown that the type of motor expe-
rience can also affect letter perception. Longcamp et al. (2005b)
found that older preschool children were better able to recognize
letters if they had practiced writing them as opposed to typing
them. These researchers proposed that the writing condition facil-
itated an internal model of the letter due to integration of vision,
motor commands, and kinesthetic feedback, which typing does
not provide. This group suggested that while typing, the chil-
dren are simply building a cognitive map of the keyboard rather
than gaining extensive knowledge about the letters that they learn.
Similarly, adults who wrote new pseudoletters were better able
to recognize the correct orientation of the character than those
who typed them (Longcamp et al., 2006a). Researchers attributed
this result to the representations of each pseudoletter in mem-
ory. Because the writing condition created an association between
the motor system, visual system, and kinesthetic feedback, the
adults were able to increase their knowledge about the spatial
information for each character. The typing condition created an
association between the pseudoletter and an arbitrary clue, lead-
ing to a less accurate representation of the character. Furthermore,
the writing condition is a more complex motor action, suggest-
ing that more intensive motor experiences led to enhanced visual
representations.
Neuroimaging research has also suggested an important link
between writing and letter perception. The visual system has been
shown to process different categories of stimuli with different sys-
tems, often referred to as “functional specialization.” Whether or
not this specialization is due to stimulus category or processing
requirements of different stimuli is an active research question
(e.g., Kanwisher and Yovel, 2009; Bukach et al., 2010), that will
not be explicitly addressed here. Nonetheless, functional spe-
cialization for the visual processing of words and letters in the
fusiform gyrus reveals two interrelated functional regions. The
anterior left fusiform gyrus has been shown to be more responsive
to individual letters than to letter strings, words, digits, or Chinese
characters (James et al., 2005), while the posterior region of the left
fusiform gyrus, described as the visual word form area (VWFA),
responds more to letter strings and words than to individual let-
ters (Cohen and Dehaene, 2004; James et al., 2005). Interestingly,
the anterior region that underlies visual letter perception, is
affected by writing experience. Adults that learned to form pseu-
doletters by hand, showed increased activation in this letter
processing region only after pseudoletters were written, but not
after typing or visual practice alone (James and Atwood, 2009).
www.frontiersin.org September 2013 | Volume 4 | Article 567 | 1
Kersey and James Brain activation after learning to write
Similarly, pre-literate children (4–5 year olds) that practiced
learning letters recruited this region during a subsequent fMRI
scan only after printing was incorporated into their learning.
Those who learned letters by visual-auditory practice (James,
2010) or by typing practice (James and Engelhardt, 2012) did not
recruit this region during subsequent letter perception. These lat-
ter studies provide convincing evidence that printing letters by
hand affects the neural processing of letter perception, and by
extension, may have a significant effect on the development of
reading skills.
Further evidence for the interaction between writing and
letter perception comes from another interesting set of find-
ings that have shown that during letter perception, motor
regions of the brain are active (Longcamp et al., 2003, 2005a,
2011; James and Gauthier, 2006; James and Atwood, 2009;
James and Engelhardt, 2012). Similar motor system activa-
tion has been shown during the visual perception of tools
(Chao and Martin, 2000) and during verb reading (Hauk
et al., 2004), demonstrating that systems that are used dur-
ing action are re-activated during visual perception. It has
been proposed that these networks are driven by interactions
with the letters via motor experiences such as writing, lead-
ing to a similar re-activation of motor systems during visual
perception (James and Atwood, 2009; James and Engelhardt,
2012).
In sum, functional specialization for letters likely develops
through motor experiences during the initial stages of learning.
Further, the motor experience of writing greatly enhances the
response of neural substrates for letter perception more so than
typing motor experience (Longcamp et al., 2005b, 2006a; James
and Atwood, 2009; James and Engelhardt, 2012).
DIFFERENCES BETWEEN CURSIVE SCRIPT AND MANUSCRIPT
Much of this previous research focused on hand-printed let-
ters or on pseudoletters (letter-like symbols). Very little research
has been performed to address the relationship between reading
and writing in regards to cursive letters. Cursive letters present
a unique scenario. By the time most children learn cursive writ-
ing, they have learned how to read and write the printed alphabet.
Thus, learning cursive letters involves matching a new visual form
to, and integrating a new motor plan into, the representation
for its hand-printed counterpart. Recently, teaching cursive writ-
ing in elementary schools has met with controversy, leading in
some cases, to abolishing this requirement in many American
elementary school curricula. Nonetheless, little is known about
the usefulness of learning cursive writing in terms of literacy
outcomes, and the mechanisms that underlie this skill in chil-
dren are unknown. In adults, a dissociation between process-
ing cursive letters and hand-printed ones has been documented
(Qiao et al., 2010; Longcamp et al., 2011) suggesting an impor-
tant difference between the two, at least in terms of neural
processing. The present study addresses the emergence of this
dissociation in children first learning to write letters in cursive
script.
Behavioral evidence suggests that perceiving letters that are
written in cursive is more difficult than perceiving typed let-
ters (Corcoran and Rouse, 1970; Qiao et al., 2010). Furthermore,
letters written in cursive do not facilitate the speeded percep-
tion of letters that are typewritten—that is, they do not “prime”
recognition (Qiao et al., 2010).
Neuropsychological studies also offer evidence for dissocia-
tions between cursive andmanuscript print. Clinical observations
have revealed that following a stroke, some aphasic patients dis-
play a preference for reading and writing in one modality over
the other (Boone and Friedman, 1976; Williams, 1984). Williams
(1984) hypothesized that because the patients who were better at
reading cursive had higher combined scores on the reading com-
prehension task than the patients who were better at print, cursive
stimuli might be more beneficial for those with less severe reading
comprehension impairments, while those who are more severely
impaired may benefit more from printed stimuli. Alternatively,
because cursive is more difficult to perceive, the less severely
damaged patients could still perform in the cursive tasks, while
those who were more severely impaired could only perform when
the letters were easier to perceive (manuscript print). In a case
study, Hanley and Peters (1996) discuss the unique writing pat-
terns of HN, who, following a stroke, could print uppercase
letters, but struggled when it came to printing lowercase letters.
However, his ability to write lowercase letters in cursive remained
relatively intact. These clinical cases suggest that different mecha-
nisms underlie, not only the perception, but also the production
of cursive and printed letters.
Imaging studies have also addressed this apparent dissociation
in adults. Longcamp et al. (2006b) used magnetoencephalogra-
phy (MEG) to investigate the distinction between handwritten
printed and cursive letters. The researchers suspected that part
of the distinction in processing cursive and hand-printed let-
ters was due to personal knowledge about motor rules involved
in writing, and for this reason, they focused their study on the
motor cortex. They found more suppression in the motor cortex
after participants’ viewed handwritten cursive letters compared to
printed letters, suggesting that the motor cortex is recruited more
by handwritten cursive letters. More recent studies also found
recruitment of motor regions during perception of cursive let-
ters. One study using Transcranial Magnetic Stimulation (TMS),
found that recognition of handwritten cursive letters involved the
motor cortex, as evidenced by reduced corticospinal excitability
for the right hand (Nakatsuka et al., 2012). Another study found
that Exner’s area in the left dorsal premotor cortex was sensi-
tive to whether dynamic cursive letters were presented forward or
backward (Nakamura et al., 2012). To date only one fMRI study
has looked at the neural correlates of perceiving handwritten cur-
sive letters throughout the whole brain. Longcamp et al. (2011)
replicated their previous results from the MEG study (Longcamp
et al., 2006b) and found greater motor activation in the left pri-
mary motor cortex and supplementary motor area during the
perception of handwritten cursive letters compared to the per-
ception of hand-printed letters. Other non-motor areas were also
implicated in the network for cursive letter processing, including
the right superior frontal, middle occipital, and parahippocampal
gyri, and the left inferior precentral and fusiform gyri. To date this
is the only study that used neuroimaging methods at the whole-
brain level to study the distinction between perceiving cursive and
printed letters.
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The recently uncovered neural networks for cursive letters
in the adult brain implicate the motor cortex as a major part
of the distinction seen in processing printed and cursive letters
(Longcamp et al., 2006b, 2011; Nakatsuka et al., 2012; Nakamura
et al., 2012). Although letter perception recruits the left motor
cortex, perceiving cursive letters appears to enhance this activa-
tion in adults. To further understand why cursive letters have
this effect, studying the formation of the neural substrates that
underlie cursive writing would be fruitful. One purpose of the
present work was to do just this: examine how networks are
created during the initial experience of learning to write in
cursive script. The question was whether very limited experi-
ence with writing in cursive would serve to link the motor and
visual systems during letter perception or would extensive expe-
rience be required. That is, would we see the neural differences
between manuscript print and cursive script that is observed in
the adult, in children who are just learning to write in cursive
script.
A second purpose of the present work was to investigate
whether the motor act of writing letters was required for sensori-
motor systems to respond to letter perception, or if observ-
ing another person write would result in the same neural
response during subsequent perception. By introducing a true
passive control in which the visual feedback of how the let-
ter unfolds matches the visual feedback received during the
production of letters, this study is the first to further iso-
late the effects of motor experience on the development of
visual processing of letters. While previous research (James and
Atwood, 2009; James, 2010; James and Engelhardt, 2012) sug-
gests that the letters that children learn by motor production
will develop functional specialization, it is unclear how per-
ceptual networks will develop in response to letters learned in
this true passive condition (where the visual “unfolding” of the
percept is shown to the participants). If the act of motor pro-
duction leads to functional specialization for letters, the letters
that children learn by production would show a more adult-like
response during subsequent perception than other cursive let-
ters that the children do not produce themselves. However, if
the visual feedback from motor production drives the special-
ization, then all learned cursive letters should show the same




Seventeen right-handed children (6.9–7.8 years, mean age of
7.4 years, 9 female) participated in this study. Handedness was
assessed using the Edinburgh Handedness Inventory (Oldfield,
1971). All children could read at or above a normal level for their
age, print their name and selected letters, and had not yet started
learning cursive in school. Additionally, all children had normal
or corrected to normal vision and were native English speakers.
Informed written consent was obtained from the parents who
were compensated with a gift card, while the children were com-
pensated with a small toy or book. All research was approved




Participants were taught to write letters in a cursive script that
were from the Zaner-Bloser (ZB) script library and included
twenty-four letters that were divided into three groups (see
Figure 1). The letter “f” was excluded as it is the only letter that
extends from below the writing line to the top of the writing space,
and the letter “c” was excluded due to its similarity to the lower-
case printed “c.” The cursive letter recognition test was created
with ZB FontsOnline Plus and consisted of eight rows of cursive
letters. Each row contained three similar letters, one from each
set of cursive letters, repeated three times throughout the line (see
Figure 2A for example). The recognition test was double-sided,
resulting in a total of 16 rows so that each of the 16 learned letters
could be tested.
In the cursive training session, each child learned one group
of letters by motor production (actively) and one group by
motor observation (passively), leaving one group of cursive letters
unlearned. Training worksheets were modeled from worksheets
in the Zaner-Bloser Handwriting Level 2C Practice Masters and
created with the help of Zaner-Bloser’s ZB FontsOnline Plus fea-
ture. The worksheets consisted of an example letter with arrows
to demonstrate the order of the strokes in each letter, two large
letters for tracing, and two sets of a pair of rows with the top
row depicting each letter four times and the bottom row blank
for children to write each letter under the model letter in the
top row. In the bottom row of the first set, two starting dots
were included to remind children where to start the letters. This
resulted in each letter being traced twice and written eight times
(see Figure 2B).
Imaging stimuli
Three groups of cursive letters were used as stimuli as well as
printed letters. The printed letters were presented in Zaner-Bloser
manuscript font and the cursive letters were presented in Zaner-
Bloser cursive font (see Figure 1 for examples). All letters were
FIGURE 1 | Cursive stimuli divided into groups used for assignment of
letters to learning conditions.
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FIGURE 2 | (A) An example of the cursive letter pre-test: participants circle
each instance of a letter given to them. (B) An example of the worksheets
used for learning to write cursive script.
presented in lower-case only. Each stimulus was presented indi-
vidually and was 3” high by 2” wide. They were centered on the
screen, and were presented in black font in a white box on a gray
background to minimize brightness.
PROCEDURE
Pre-scan Session
Prior to neuroimaging, children completed standardized tests and
a behavioral training session. First, the WRAT 4 (Wide Range
Achievement Test 4) (Wilkinson and Robertson, 2006) Word
Reading Subtest Parts 1 (Letter Reading) and 2 (Word Reading)
were administered to assess reading level. Part 1 (Letter Writing)
of the WRAT4 Spelling Subtest was then administered to evalu-
ate basic letter printing abilities. All children scored at or above
normal for their age on all subtests. A pretest of cursive letter
recognition was then administered in which children were asked
to circle one letter per line when given the name of the letter (see
Figure 2A). Children were tested on all cursive letters they were
about to learn. Following the pretest, children learned eight letters
actively by completing worksheets in which the strokes required
to write the letters were described as the experimenter pointed
to reference points on the example letter. They then traced each
letter twice and wrote each letter eight times (see Figure 2B).
Children learned eight additional letters passively by watching an
experimenter complete a worksheet in the same format, match-
ing for time to ensure approximate equal exposure to the letters
learned actively and passively. The child and experimenter alter-
nated learning letters and after each had taken a turn, the child
was allowed to select a sticker. This encouraged children to pay
attention while the experimenter completed her turn. The active
and passive sets of letters learned and the order in which the cur-
sive letters were learned were counterbalanced across participants.
After the training, and prior to neuroimaging, the same cursive
letter recognition was administered as a posttest. The order of
target letters for each line was counterbalanced between pre and
posttests and across participants.
Imaging session
Immediately prior to the imaging session children were taken to
an MR simulator so that they could acclimate to the MR environ-
ment. Children watched short cartoons while simulated sounds
recorded from actual EPI sequences were played in the back-
ground. This ensured that participants were not surprised by the
loud noises or the confined space. Children practiced lying still
while head and body movements were monitored. If they felt
comfortable in this environment and if both the child and their
parent consented to continuing with the actual neuroimaging,
they were then taken directly to the MR scanner.
At the beginning of the imaging session, a preliminary high-
resolution anatomical scan was administered while the child
watched a cartoon. Following the anatomical scan were four func-
tional runs. Children were instructed to simply look at the stimuli
as they appeared (passive viewing). Stimuli were presented via
SuperLab Pro 4 (Cedrus Corporation) on a Macintosh Macbook
laptop. A block design was used. Each block consisted of 8 stimuli
and lasted for 16 s with 12 s of fixation between each block and a
20 s period of fixation at the beginning of each run. Each stimulus
block was repeated at least once per run so that across the 4 runs
each stimulus type was presented 5 times. This resulted in two
longer runs of 8 blocks lasting 4min 4 s and two shorter runs of
7 blocks lasting 3min 36 s. The longer runs were always admin-
istered first and the shorter runs followed. Note that there were
2 additional stimulus conditions presented that are not analyzed
here, consisting of shape stimuli and were included for another
study. Neural activation during perception of the different stimuli
was measured by the blood oxygen-level-dependent (BOLD) sig-
nal throughout the brain. Imaging sessions lasted approximately
30min.
fMRI ACQUISITION
Imaging was performed using a 3-T Siemens Magnetom Trio
whole-bodyMRI system and a phased-array 12-channel head coil,
located at the Indiana University Department of Psychological
and Brain Sciences. Images were acquired using an echo-planar
technique (TE = 20ms, TR = 2000ms, flip angle = 90◦) for
BOLD-based imaging. The field of view was 22 × 22 × 9.9 cm,
with an in-plane resolution of 64 × 64 and 33 slices per vol-
ume that were 4mm thick. The resulting voxel size was 3.0 ×
3.0 × 4.0mm. Functional data underwent slice-time correction,
3D motion correction, linear trend removal, and Gaussian spa-
tial blurring (FWHM 6mm) using the analysis tools in Brain
Voyager™. Individual functional volumes were co-registered
to anatomical volumes with an intensity-matching, rigid-body
transformation algorithm. Co-registration was to the anatomi-
cal volumes acquired at the beginning of the runs. Voxel size of
the functional volumes was standardized at 1 × 1 × 1mm using
trilinear interpolation.
fMRI DATA ANALYSIS PROCEDURES
Whole-brain group contrasts were performed on the resulting
data. The functional data were analyzed with a random effects
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general linear model (GLM) using the Brain Voyager™ multi-
subject GLM procedure. The GLM analysis allows for the cor-
relation of predictor variables or functions with the recorded
activation data (criterion variables) across scans. The predic-
tor functions were based on the blocked stimulus presentation
paradigm of the particular run being analyzed and represent an
estimate of the predicted hemodynamic response during that
run. Only functional data from right-handed children were ana-
lyzed. Any functional data that exceeded 5mm of motion on
any axis during a block other than fixation was excluded from
the analysis. This resulted in the exclusion of data from 9 right-
handed participants consisting of 3 volumes of data from actively
learned letters, 6 volumes from passively learned letters, 4 vol-
umes from unlearned cursive letters, and 2 full runs from one
participant. Additionally, one right-handed participant did not
complete the MR imaging session. This resulted in data from 16
right-handed children. Individual anatomical data was normal-
ized to the stereotactic space of Talaraich and Tournoux (1988)
using an eight-parameter affine non-linear transformation, with
parameters selected by visual inspection of anatomical landmarks
and by using the Talairach Deamon Applet and Client (Lancaster
et al., 1997, 2000).
RESULTS
OVERT LEARNING PERFORMANCE
Overall cursive recognition performance prior to training was
56% (SE.05) and post-training recognition was at 80% (SE.03).
To better understand the recognition performance the cursive
recognition tests were scored for the 16 participants (that com-
pleted the MRI scanning) using a sensitivity measure. When the
child circled the target letter, a hit was scored, and when a dis-
tractor letter was circled, a false alarm was recorded. Probability
of a hit and probability of a false alarm were then calculated for
each test. The probability of a false alarm was subtracted from the
probability of a hit to obtain a measure of sensitivity in distin-
guishing amongst the cursive letters. This measure of sensitivity
was used in all statistical tests. A 2 (time: pre-learning and post-
learning) × 2 (learning condition: active vs. passive) repeated
measures ANOVA was performed and revealed only a main effect
of time [F(1, 15) = 19.30, p < 0.001], but no main effect of learn-
ing [F(1, 15) = 2.1, n.s.] or an interaction [F(1, 15) = 0.35, n.s.].
Thus, there was a learning effect (change over time), but this was
not specific to the learning condition.
To measure the amount of learning that took place during
training, the sensitivity score for the pre-test was subtracted from
the sensitivity score of the post-test. This was done separately
for the letters that the children learned actively, by writing, and
the letters that children learned passively, by watching an exper-
imenter write (see Figure 3). To determine if significant learning
took place these scores were compared to zero (no learning)
using one-sample t-tests. T-tests indicated that the change in
scores from pre-test to post-test was significant for both actively
learned letters [mean = 0.2467, t(15) = 5.13, p < 0.01] and pas-
sively learned letters [mean = 0.2145, t(15) = 4.12, p < 0.01]. A
paired samples t-test revealed no difference in amount of learn-
ing between the active and passive conditions [t(15) = 0.698, n.s.].
This suggests that although children were better at identifying
FIGURE 3 | Difference in pre-test and post-test scores for actively and
passively learned letters. Error bars are standard error of the mean, and
asterisk indicate significant difference from chance (no learning) at p < 0.05.
cursive letters after the training session, each learning condition
resulted in the same amount of learning.
NEURAL ACTIVATION
Whole-brain analyses
Several whole-brain contrasts were performed. Individual data
was averaged together to create group statistical parametric maps.
All results are reported at a voxel-wise error-rate of p < 0.01 with
a cluster-threshold correction of 8 voxels to obtain an overall
family-wise error rate of p < 0.05. Reported trends are for areas of
activity significant at a voxel-wise error rate of p < 0.01 with no
cluster-threshold correction applied. See Table 1 for a complete
list of brain regions recruited for the following contrasts.
Letter perception vs. rest. To determine how learning cursive
letters actively and passively affected subsequent perception, we
performed several contrasts of our learning conditions. First,
we compared the perception of all cursive letters to rest. This
analysis revealed that when comparing all cursive letters to rest,
an extensive region in the Lateral Occipital complex, including
the fusiform gyrus, was active bilaterally (see Figure 4A). When
comparing the individual learning conditions to rest, only the
actively learned cursive letters recruited this region, and only in
the fusiform gyrus, more than rest (Figure 4B). Passively learned
letters did not recruit this region greater than rest (Figure 4C).
Therefore, just as is seen with printed letters, perceiving cur-
sive letters only recruits letter-specific processing regions after
active learning. We also compared unlearned cursive letters to
rest, which recruited the left LOC, but not the fusiform gyrus (see
Figure 4D). No regions were significantly active in the remainder
of the brain above rest, including motor cortex.
Cursive perception vs. print perception. Three contrasts were
performed in an attempt to replicate the findings from Longcamp
et al. (2011) of neural differences in processing cursive letters vs.
letters printed in manuscript form. All cursive letters (actively
learned, passively learned, and unlearned) were compared against
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Table 1 | Peak Talairach coordinates and range of distribution for each region revealed in whole brain contrasts.
Contrast Region Talairach Peak X -range Y-range Z-range Total voxel
(X, Y, Z ) size
Print vs. actively learned Right superior temporal gyrus 31, 15, −23 23. . . 37 2. . . 20 −26. . .−17 560
Right parahippocampal gyrus 25, −2, −18 7. . . 33 −14. . . 2 −23. . .−9 956
Right cuneus 23, −84, 32 19. . . 29 −87. . .−79 29. . . 40 261
Left superior parietal lobule −24, −53, 61 −31... −20 −54. . .−47 57. . . 66 716
−18, −49, 63 −24. . .−12 −56. . .−42 56. . . 70 830
Left medial frontal gyrus −5, −26, 67 −17. . . 1 −39. . .−21 59. . . 76 1546
Left postcentral gyrus −6. −39, 66 −11. . . 1 −44. . .−35 57. . . 72 945
−14, −34, 67 −19. . .−10 −36. . .−27 65. . . 72 423
Left precentral gyrus −37, −26, 62 −47. . .−28 −35. . .−21 56. . . 69 895
Left precuneus −4, −49, 62 −12. . . 2 −61. . .−45 54. . . 70 1598
2, −59, 49 −8. . . 11 −80. . .−53 39. . . 57 963
−30, −80, 36 −38. . .−7 −89. . .−73 29. . . 50 1095
Left cuneus −1, −95, 15 −16. . . 4 −102. . .−86 0. . . 22 956
Left cerebellum −11, −71, −14 −16. . . 5 −73. . .−65 −15. . .−10 292
Print vs. passively learned Right insula 34, 6, 13 27. . . 40 3. . . 14 12. . . 17 395
Right precentral gyrus 49, −15, 29 45. . . 54 −17. . .−12 24. . . 33 230
Right cuneus 4, −91, 22 0. . . 21 −95. . .−85 16. . . 36 536
Right cerebellum 25, −37, −18 20. . . 29 −49. . .−31 −20. . .−15 294
23, −61, −11 19. . . 32 −69. . .−29 −16. . .−7 604
9, −60, −12 −2. . . 22 −66. . .−43 −16. . .−7 2151
Left precentral gyrus −62, 0, 7 −68. . .−52 −9. . . 11 −3. . . 19 2079
−48, −12, 45 −54. . .−42 −24. . .−6 37. . . 61 1148
−35, −14, 51 −40. . .−32 −16. . .−9 45. . . 58 263
Left inferior parietal lobule −63, −32, 32 −68. . .−56 −42. . .−22 20. . . 40 1093
−60, −29, 24 −65. . .−52 −24. . .−14 24. . . 30 487
Left postcentral gyrus −42, −25, 67 −46. . .−37 −29. . .−21 53. . . 61 274
Left cerebellum −25, −32, −20 −30. . .−18 −37. . .−27 −23. . .−16 451
Left cerebellum −3, −81, −12 −18. . . 15 −93. . .−80 −17. . . 2 1352
Print vs. unlearned Right superior frontal gyrus −35, 43, 31 −39. . .−27 39. . . 51 27. . . 37 562
Right superior frontal gyrus −35, 43, 31 19. . . 27 43. . . 52 30. . . 42 418
Right insula 38, 8, 11 33. . . 42 2. . . 11 8. . . 13 226
49, −18, 22 44. . . 55 −25. . .−13 17. . . 31 825
Right precentral gyrus 48, −8, 9 39. . . 60 −14. . . 0 6. . . 15 819
Right postcentral gyrus 17, −42, 66 11. . . 26 −50. . .−37 63. . . 70 680
Right precuneus 4, −61, 57 −12. . . 20 −69. . .−42 50. . . 69 1970
Right caudate 35, −42, 9 31. . . 43 −48. . .−40 2. . . 15 682
Right lingual gyrus 29, −57, −2 26. . . 34 −69. . .−47 −11. . . 2 351
Right cerebellum 27, −49, −16 21. . . 33 −54. . .−42 −21. . .−12 409
Left putamen −28, −9, −7 −32. . .−21 −15. . .−7 −13. . .−2 255
Left transverse temporal gyrus −45, −28, 13 −56. . .−36 −38. . .−25 5. . . 22 491
Left precentral gyrus −15, −24, 67 −24. . .−7 −35. . .−15 62. . . 73 1227
Left postcentral gyrus −29, −37, 62 −37. . .−22 −34. . .−20 59. . . 67 937
Left superior parietal lobule −21, −61, 56 −40. . .−10 −71. . .−42 47. . . 67 2159
Left cerebellum −38, −47, −17 −43. . .−33 −56. . .−38 −21. . .−9 721
Actively learned vs. passively
learned
Right claustrum 30, 10, 15 27. . . 34 5. . . 18 13. . . 17 143
Right insula 38, 3, 13 33. . . 43 1. . . 10 11. . . 17 212
Left precentral/postcentral gyri −50, −11, 46 −55. . .−49 −12. . .−5 44. . . 49 88 n/s
Left claustrum −37, −13, −4 −40. . .−32 −22. . . 4 −9. . . 7 1110
−34, −2, 10 −43. . .−27 −6. . . 14 5. . . 17 790
(Continued)
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Table 1 | Continued
Contrast Region Talairach Peak X -range Y-range Z-range Total voxel
(X, Y, Z ) size
All cursive vs. rest
Right fusiform gyrus 41, −71, −8 34. . . 47 −88. . .−64 −18. . .−3 1138
28, −92, −10 22. . . 34 −99. . .−88 −14. . .−4 500
Left middle ociipital gyrus −46, −77, −10 −52. . .−17 −102. . .−50 −24. . . 2 5359
Actively learned vs. rest
Right fusiform gyrus 40, −43, −9 36. . . 47 −55. . .−37 −14. . .−2 1127
Right cerebellum 35, −42, −21 30. . . 39 −45. . .−37 −26. . .−17 255
Left fusiform gyrus −40, −53, −13 −43. . .−37 −57. . .−47 −19. . .−10 266
Left cerebellum −40, −38, −21 −46. . .−31 −47. . .−26 −29. . .−17 909
Posterior cingulate 1, −30, 23 −10. . . 9 −36. . .−20 17. . . 27 1178
Unlearned vs. rest Left cerebellum −45, −72, −16 −51. . .−39 −83. . .−65 −21. . .−8 1237
Left Inferior occipital gyrus −45, −78, −4 −49. . .−41 −84. . .−71 −9. . . 0 539
FIGURE 4 | Contrasts of cursive letters > rest focusing on the
lateral occipital complex and the fusiform gyrus. Depicts individual
contrasts of (A) all cursive letters > rest, (B) actively learned
cursive letters > rest, (C) passively learned cursive letters > rest,
and (D) unlearned cursive letters > rest. Family-wise error rate held
at p < 0.01.
printed letters to determine how different learning experiences
affect the perception of cursive letters in relation to familiar
printed ones. This contrast was balanced by weighting the printed
condition × 3. Unlike the previous findings, cursive letters were
not found to significantly recruit any regions more so than
printed letters. However, the reverse contrasts revealed several
areas that were recruited more for printed than cursive letters. We
unpacked these differences by then contrasting each individual
cursive learning type (active, passive, and unlearned) to printed
letters.
(a) Contrasting printed letters with actively learned cursive let-
ters revealed significant activity in the right superior temporal
gyrus, right parahippocampal gyrus, the left precentral gyrus,
the left medial frontal gyrus, left cerebellum, and several pari-
etal areas including the left postcentral gyrus and left superior
parietal lobule, indicating that those areas are recruited more
for printed letters in comparison to actively learned cursive
letters (see Figure 5, left).
(b) In comparing the printed letters with passively learned cursive
letters, printed letters were found to recruit the right superior
temporal gyrus, right insula, bilateral precentral gyrus, left
postcentral gyrus, bilateral cerebellum and bilateral parahip-
pocampal regions more than for passively learned cursive
letters (see Figure 5, middle).
(c) Finally, in comparison to unlearned cursive letters, the
printed letters recruited the bilateral superior frontal gyrus,
the right insula, the left and right precentral gyrus, the left
putamen, the right transverse temporal gyrus, bilateral post-
central gyrus, and the cerebellum to a significantly greater
degree (see Figure 5, right). In sum, these results indicate
that printed letter perception recruited several regions more
than perception of cursive letters. Furthermore, the location
and extent of the recruitment was different when compar-
ing perception of printed letters to each of the three groups
of cursive letters, indicating an effect of learning. Of partic-
ular note is that the right insula was not recruited differ-
entially to printed and actively learned cursive letters, but
was for printed letters vs. passive and unlearned cursive
letters.
Combined with the cursive vs. rest contrasts, these results indi-
cate that although active learning does result in the recruitment
of the fusiform gyrus (active cursive vs. rest) during cursive letter
www.frontiersin.org September 2013 | Volume 4 | Article 567 | 7
Kersey and James Brain activation after learning to write
FIGURE 5 | Direct contrasts of perception of printed letters >
perception of cursive letters broken down by cursive learning
condition. The upper slice denotes of pattern of interest regarding the right
insula, which is recruited when printed letters are compared only to
passively learned and unlearned cursive. The bottom slice reveals greater
recruitment of motor regions for printed letters in comparison to each type
of cursive letter.
perception, it does not do so more than the perception of printed
letters.
Actively learned vs. passively learned cursive letters. To investi-
gate the differences between learning conditions directly, actively
learned and passively learned cursive letters were compared.
Contrasting the actively learned cursive letters with the pas-
sively learned cursive letters revealed significant recruitment of
the bilateral insula and claustrum for the actively learned letters
(Figure 6) with trends toward significantly greater recruitment
of the left precentral and postcentral gyri (not pictured). These
results indicate that self-generated writing leads to greater recruit-
ment of the insula and claustrum regions during subsequent letter
perception than does observing letter writing. Interestingly, active
vs. passive learning did not differ in the fusiform gyrus when
contrasted directly, suggesting that the difference in activation
outlined above, when these conditions are compared to rest, is
a small (but significant) effect.
Region of interest analyses
The following analyses were performed on children who showed
recruitment of the left fusiform gyrus in a contrast of printed let-
ters> rest at the same threshold used in the whole-brain analyses
(voxel-wise error-rate of p < 0.01 with a cluster-threshold cor-
rection of 8 voxels). This restriction ensured that the following
analyses included only those children who were responding to
printed letters in an adult-like manner and resulted in the exclu-
sion of four children, leading to a sample size of 12. See Table 2 for
a complete list of each individual’s regions of interest. Note that
the peak activity resulting from this contrast did not result in true
fusiform activity (as determined by the Talaiach Daemon) in each
individual. Nonetheless, we extracted data from these regions for
the following reasons: (A) in each individual the peak of activ-
ity fell within 5mm of the fusiform gyrus (as determined by the
Talairach Client); (B) given this is functional localization, these
FIGURE 6 | A contrast of perception of actively learned letters >
passively learned letters resulted in recruitment of bilateral insula and
claustrum.
regions responded more to print than rest and were within 5mm
of the fusiform gyrus and (C) given co-registration difficulties
with children’s brain on an adult template, and that visually, the
regions appeared to lie within the cortex, we believe that using a
5mm range is appropriate.
Fusiform gyrus region. Regions-of-interest were determined by
comparing printed letters to rest in a whole-brain compari-
son in each individual. This contrast was used to reveal the
well-known brain regions that respond to letters after a child
learns to print, in particular, the bilateral anterior fusiform gyrus
(e.g., James, 2010; James and Engelhardt, 2012), located at the
peak coordinates of −39, −54, −15 and 38, −54, −15. We
extracted data from this region that is independent of the contrast
used to select the region. Our whole-brain contrasts suggested
that there should be an active cursive vs. passive cursive dif-
ference in this region, but it is probably a small effect, thus,
the ROI analysis can show us a direct comparison with more
statistical power. To determine whether or not the cursive let-
ters recruited these regions, we extracted data from individuals
from these two ROIs and performed statistical tests on the mean
time courses of BOLD activation for the cursive letter condi-
tions. First, we wanted to determine whether the signal in these
regions was significantly above baseline, and therefore performed
one-sample t-tests of each learning condition (active, passive
unlearned) against baseline. Results indicated a trend toward sig-
nificant recruitment above baseline for actively learned letters
in the left fusiform gyrus [t(11) = 2.02, p = 068] (Figure 7A)
and right fusiform gyrus [t(11) = 1.98, p = 0.073], (Figure 7B)
but no other contrasts approached significance. Next, to com-
pare how learning condition affected % BOLD signal change, a 2
(hemisphere) X 3 (Learning condition: active, passive, unlearned)
mixed model ANOVA was performed that revealed no signifi-
cant differences in terms of main effects or interactions, but two
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Table 2 | Peak Talairach coordinates and range for the Regions-of-Interest analyses.
ROI Participant Talaraich Peak X -range Y -range Z -range Total voxel
(X, Y, Z ) size
Left fusiform region (+/− 5mm) AT −39, −61, −18 −44. . .−36 −65. . .−58 −21. . .−13 212
ES −43, −50, −20 −46. . .−41 −56. . .−47 −23. . .−17 117
GM −30, −46, −17 −33. . .−28 −51. . .−43 −21. . .−14 160
HG −39, −62, −15 −43. . .−35 −65. . .−60 −19. . .−12 273
JM −41, −47, −15 −43. . .−39 −51. . .−44 −20. . .−12 222
KP −38, −65, −10 −42. . .−34 −70. . .−61 −15. . .−6 516
LS −36, −54, −14 −37. . .−33 −59. . .−51 −18. . .−12 112
MK −41, −59, −19 −44. . .−39 −62. . .−54 −22. . .−17 154
MP −48, −42, −23 −52. . .− 43 −44. . .−38 −28. . .−19 438
OS −45, −52, −19 −49. . .−40 −57. . .−48 −24. . .−15 474
SL −38, −50, −18 −41. . .−34 −55. . .−46 −23. . .−14 314
SM −43, −48, −12 −46. . .−40 −53. . .−44 −15. . .−9 255
Right fusiform region (+/− 5mm) AT 39, −66, −15 35. . . 42 −69. . .−63 −18. . .−12 230
ES 31, −58, −18 28. . . 34 −60. . .−54 −22. . .−15 148
GM 21, −45, −17 18. . . 27 −48. . .−41 −20. . .−14 216
HG 30, −53, −5 28. . . 34 −59. . .−50 −8. . .−3 154
JM 36, −48, −22 33. . . 38 −52. . .−45 −24. . .−20 115
KP 37, −64, −9 34. . . 40 −68. . .−61 −11. . .−8 102
LS 36, −49, −15 30. . . 39 −52. . .−43 −19. . .−11 285
MK 33, −48, −11 30. . . 35 −52. . .−43 −15. . .−8 140
MP 47, −41, −19 41. . . 49 −46. . .−37 −22. . .−15 184
OS 34, −44, −20 30. . . 39 −49. . .−41 −24. . .−17 367
SL 36, −38, −17 31. . . 40 −43. . .−34 −23. . .−14 420
SM 44, −58, −8 40. . . 48 −63. . .−54 −14. . .−5 272
Precentral gyrus AT −47, −14, 41 −51. . .−42 −17. . .−11 38. . . 46 261
ES −49, −9, 56 −53. . .−46 −12. . .−6 53. . . 58 67
GM −48, −3, 53 −51. . .−45 −6. . . 0 50. . . 55 46
HG −57, −5, 42 −60. . .−54 −8. . .−2 37. . . 46 131
JM −44, −7, 52 −49. . .−40 −9. . .−5 50. . . 55 167
KP −46, −6, 41 −49. . .−43 −8. . .−3 39. . . 44 61
LS −48, −8, 49 −52. . .−44 −12. . .−4 47. . . 51 118
MK −34, −9, 62 −39. . .−31 −13. . .−6 58. . . 65 208
MP −57, −4, 44 −60. . .−54 −7. . . 0 41. . . 47 131
OS −47, −13, 41 −49. . .−44 −15. . .−11 38. . . 43 89
SL −24, −14, 47 −27. . .−22 −15. . .−11 45. . . 49 39
SM −29, −9, 49 −34. . .−25 −11. . .−7 46. . . 52 104
interesting trends: One for Learning condition [F(2, 11) = 2.7,
p = 0.09], and another for the Learning X hemisphere interac-
tion [F(2, 22) = 2.6, p = 0.09]. Keeping in mind the small sample
size, we chose to further investigate these trends by perform-
ing two One-Way ANOVAs for each hemisphere separately. No
effect of learning condition was found in the left fusiform gyrus
[F(2, 11) = 2.078, n.s.]. However, an effect of learning condi-
tion was found in the right fusiform gyrus [F(2, 11) = 3.435,
p < 0.05]. Post-hoc paired t-tests revealed a significant differ-
ence between the actively learned letters and the unlearned letters
[t(11) = 2.369, p < 0.05, mean difference of 0.51, SD = 0.75) and
between the passively learned letters and the unlearned letters
[t(11) = 2.511, p < 0.05, mean difference of 0.45, SD = 0.64]. No
significant difference was found between actively learned letters
and passively learned letters [t(11) = 2.34, n.s., mean difference of
0.06, SD = 0.83] (see Figure 7A). In sum, writing letters trended
toward significant recruitment of the bilateral fusiform above
baseline, while both self-generated active and observed passive
writing led to greater recruitment of the right fusiform during
subsequent perception in comparison to perception of unlearned
letters.
Motor cortex. Our whole brain contrasts suggested that the
left precentral gyrus may be differentially recruited for actively
learned vs. passively learned cursive letters as indicated by a trend
toward greater recruitment of this region during perception of
actively learned letters compared to passively learned ones. This
ROI analysis was designed to further investigate this difference.
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FIGURE 7 | Region of interest results for the right fusiform (A) and left
fusiform (B). Trends were found for recruitment of the left and right fusiform
above baseline in response to perception of actively learned letters.
Significant differences in recruitment for perception of actively learned letters
and passively learned letters compared to unlearned cursive letters were
found in the right fusiform only. Error bars are standard error of the mean.
Regions-of-Interest within the motor cortex were identified by
contrasting printed letters with rest in a whole-brain compari-
son for each individual. This resulted in a region-of-interest with
peak coordinates of −41, −16, 59, situated in the left precen-
tral gyrus. All peak coordinates from each individual fell on the
left precentral gyrus (see Table 2). To determine how this region
responded to the perception of cursive letters after different
learning conditions, a One-Way repeated measures ANOVA was
performed using each individual’s peak motor cortex activation.
The ANOVA revealed no effect of learning condition [F(2, 11) =
1.093, n.s.]. Planned comparisons were performed to investigate
whether any of the learning conditions recruited this region above
baseline. One-sample t-tests were performed for each learning
condition, resulting in a significant difference for actively learned
letters from baseline [mean = 0.951, t(11) = 3.102, p > 0.01],
but no effect for passively learned letters [mean = 0.378, t(11) =
1.645, n.s.] or unlearned cursive letters compared to baseline
[mean = 0.503, t(11) = 2.035, n.s.] (see Figure 8). This strength-
ens our assumption that active learning of letters drives the
recruitment of the precentral gyrus during letter perception.
DISCUSSION
This study investigated the role of motor experience in the
development of neural networks for cursive letters. Behavioral
measures of recognition and neural measures of perception were
taken to evaluate how cursive letters were processed after learn-
ing relative to printed letters and how active (self-generated) and
passive (observed) motor experience influenced these processes.
There were several results of interest: First, viewing cursive letters
recruited the bilateral fusiform gyrus only when the letters were
learned through self-generated action. This finding was shown by
our group contrasts (active vs. rest) and by the ROI analysis of
the fusiform gyrus. Next, the precentral gyrus was also recruited
more for actively learned letters compared to passive observation.
Further, the bilateral insula and claustrum were recruited during
perception of the letters that children wrote, compared to letters
that children observed being written.
Interestingly, no regions were found to be recruited more for
cursive letters in comparison to printed ones. This null result
is interesting in that it fails to replicate a finding for adults
(Longcamp et al., 2011) suggesting that the amount of learning in
this study was not sufficient to dissociate the perception of cursive
letters from printed letters.
Together, these results suggest that (A) active learning of cur-
sive letters recruits the same sensori-motor regions in the brain as
do printed letters (James, 2010; James and Engelhardt, 2012); (B)
that active learning of cursive letters also recruits additional brain
areas more than passive learning of the same stimuli; and (C) that
perceiving cursive letters in general does not recruit additional
brain areas relative to perceiving printed letters. We will address
these conclusions in more detail below.
BEHAVIORAL RESULTS
Behavioral results indicated that children were better at discrim-
inating among cursive letters after the learning session compared
to before learning. This is not surprising given that children had
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FIGURE 8 | Region of interest results for the left motor cortex. Brain map
shows individual regions-of-interest superimposed on a typical brain. Graph
shows differences among conditions extracted from these regions. Although
no differences were found between conditions, only viewing actively learned
letters recruited this region significantly above baseline (indicated by
asterisk). Error bars are standard error of the mean.
no formal training in cursive letters prior to the study and is in
line with other studies that found increased recognition abilities
after learning a new written stimulus (Longcamp et al., 2005b;
James and Atwood, 2009). However, learning did not differ based
on learning condition, suggesting that the neural differences seen
in the whole-brain and region-of-interest analyses are a result of
training condition rather than superior performance in ability to
recognize letters learned in one condition over another.
fMRI RESULTS
Self-generated action and the sensori-motor network
The fusiform gyrus. Similar to perceiving printed letters, we
show that perceiving cursive letters results in the recruitment
of the fusiform gyrus, bilaterally. Further, this finding is more
robust (being shown in both whole-brain and ROI analyses)
if the letters are learned through self-generated action. This
finding replicates and extends our previous work (James, 2010;
James and Engelhardt, 2012) showing that active learning of
print stimuli results in the recruitment of letter specific neural
processing regions seen in the literate adult. Furthermore, this
finding resulted from a very limited learning episode, similar
to our findings in James and Engelhardt (2012). We interpret
this result as indicating that motor experience with these stimuli
enhances—or most certainly changes—subsequent visual pro-
cessing. There are several reasons why this change may occur.
First, motor movements may direct attention to the stimuli
being learned, resulting in a more robust visual representation.
Second, after a motor movement is learned, a motor program
is established that may directly connect to the visual cortex
during perception, increasing its recruitment. Third, the act of
writing a letter may result in visual information that adds to, or
augments, a representation of the visual form that is re-activated
upon subsequent perception. The first hypothesis, that motor
movements direct greater attention to visual processing, was
addressed in previous research that showed that typing, and
even tracing letters, did not result in the same sensori-motor
recruitment as self-generated action—printing in that case
(James and Engelhardt, 2012). It is still possible though, that
self-generated action drives visual attention more than typing or
tracing, but we find this interpretation to be somewhat unlikely.
The second hypothesis, that the motor program established after
writing directly contacts visual processing and serves to change
visual-only processing seems also limited because of the finding
that tracing (the same motor program) does not enhance visual
processing to the same degree as self-generated writing (James
and Engelhardt, 2012). The third hypothesis, and the one that
we favor, is that the output from self-generated handwriting
produces variable (messy) stimuli when children produce the
form. This output is then processed by the visual system. The
perception of the variable forms may serve to broaden perceptual
categories, and in turn, enhance visual processing of that stimulus
class. We have preliminary evidence that this is the case. When
young children are asked to categorize a single form of letter-like
stimuli (Greek symbols) vs. variable forms of these same stimuli,
their subsequent categorization of the stimuli is facilitated if they
practiced categorizing variable or messy, symbols (Li and James,
2013; in preparation). This behavioral evidence, however, does
not address the neural hypothesis proposed here and further
work is required to address this issue using neuroimaging meth-
ods. Perhaps stronger evidence comes from our passively learned
letter condition, where experimenters produced the cursive letters
for the children to see. In this case, the letters were produced in
accordance to the typical cursive font, with little or no variability.
Observing these letters did not result in recruitment of the
sensori-motor network seen in this, and previous work. In line
with this hypothesis are results from a recent study that found
suppression in the visual-word form area and its right hemisphere
homolog for repeated words written in the same font, suggesting
a sensitivity to font in the fusiform (Barton et al., 2010). Because
the letters produced in the passive learning condition were
written in a consistent handwriting style, this consistency may
have suppressed the fusiform during learning, thus inhibiting
reactivation of this region above baseline during subsequent
perception. In contrast, the actively learned letters were produced
with more variability, preventing repetition-suppression from
occurring during learning and permitting a more typical pattern
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of recruitment for letters within the fusiform. However, the idea
of this type of sensitivity to font within the fusiform is relatively
new and should be interpreted with caution.
Interestingly, comparing learning conditions to each other
(rather than to baseline or rest) within the left and right fusiform
led to differences between conditions only within the right
fusiform. Learned letters were found to more strongly recruit this
region in comparison to unlearned letters, but there was no dif-
ference found between actively and passively learned letters. The
fusiform gyri have been implicated in the perception of several
stimulus categories including letters, faces, and objects. However,
hemispheric differences are typically found based on the par-
ticular type of stimulus. The right fusiform, which has been
linked with the perception of objects associated with expertise,
tends to be recruited for perception of cars and birds (Gauthier
et al., 2000), faces (Puce et al., 1995; Kanwisher et al., 1997), and
well-learned greebles (Gauthier et al., 1999). In contrast, the left
fusiform is typically associated with perception of words (e.g.,
Joseph et al., 2003, 2006; Turkeltaub et al., 2003; Cohen and
Dehaene, 2004; Schlaggar andMcCandliss, 2007) and letters (e.g.,
James and Gauthier, 2006; James, 2010). Despite this traditional
lateralization for object perception, the right fusiform has been
implicated in letter perception shortly after learning, but only in
addition to recruitment of the left fusiform (James and Atwood,
2009; James, 2010; James and Engelhardt, 2012). The hypothe-
sis that early in learning systems are bilateral and then shift to
unilateral organization with increased experience has been pro-
posed by several theorists (Johnson, 2011; Plaut and Behrmann,
2011). Specifically, these theories suggest that the left hemisphere
preference for processing words, and perhaps even for letters,
is driven by learning to read, which enhances the connections
between written words and other language processes (Dehaene
et al., 2010; Plaut and Behrmann, 2011). Our finding of bilateral
fusiform recruitment for children who are still learning to read is
in line with these predictions.
The precentral gyrus. Two of our results suggest that the left
precentral gyrus is important for cursive letter perception after
learning with self-generated action. First, our whole brain anal-
ysis revealed a trend toward greater recruitment of this area for
perception of actively learned cursive letters compared to pas-
sively learned ones. Second, our ROI analysis showed that the
left precentral gyrus was only recruited above baseline for the
actively learned cursive letters, and not for the passively learned
or unlearned cursive letters. The left precentral gyrus has been
associated with letter perception in several studies and is thought
to activate stored motor programs associated with letter produc-
tion (Longcamp et al., 2005a, 2006b, 2011; James and Gauthier,
2006; Nakatsuka et al., 2012). This idea is supported by the James
and Atwood (2009) results, which found that, in adults, motor
experience (writing) with pseudoletters led to recruitment of this
region, but when the pseudoletters were learned with only visual
practice, the precentral gyrus was not recruited any more so than
before learning took place. In this case, motor experience with
the pseudoletters was essential for reactivation of the precentral
gyrus during later perception. A similar result was shown by
James and Engelhardt (2012) that only self-generated printing led
to frontal motor system recruitment in preschool children dur-
ing subsequent letter perception. Another study found that for
lefthanders the right precentral gyrus was recruited during per-
ception of printed letters, but not for unlearned pseudoletters,
again suggesting that the motor experiences involved in produc-
tion of letter are essential in order for the precentral gyrus to be
recruited during letter perception (Longcamp et al., 2005a). This
study is particularly telling because the motor activation occurred
in the hemisphere contralateral to the hand used to write and only
for previously written stimuli, thereby emphasizing the impor-
tance of writing experience for the reactivation of this region
during perception. The results of the present research add to these
findings by showing that passive observation of a letter unfolding
over time does not recruit the precentral gyrus above baseline, but
production does, thus providing strong evidence for the idea that
the motor cortex is only recruited after self-generated action (See
also James and Swain, 2011).
One difference seen between this work and previous work is
that in a previous study of cursive letters, Exner’s area, not the pre-
central gyrus, was found to be recruited (Nakamura et al., 2012).
However, this discrepancy could be attributed to three method-
ological factors. The first is the use of children vs. adults. It is
possible that this response in Exner’s area develops with experi-
ence reading and writing in cursive script. Thus, the participants
in this study would not show this activation. Alternatively, this
discrepancy could be due to the use of letters in the present study
instead of words as in previous work. This would then suggest that
Exner’s area is recruited more in response to planning to write
whole words rather than individual letters, while the precentral
gyrus is where motor plans for individual letters might be pro-
cessed. Finally, this discrepancy could be driven by the way the
stimuli were presented. In the previous study, words were pre-
sented with a trajectory that matched how the letters would be
written. In the current work, the letters were presented statically.
Thus, the activation of Exner’s area would be a result of watching
the letters unfold rather than seeing static letters appear. This is
in line with the previous study in which Exner’s area was found
to be sensitive to the temporal trajectory of the word. Cursive
primes were only able to produce a priming effect in this region
when the trajectory of the word was presented in the correct direc-
tion (Nakamura et al., 2012). If this is indeed the case, it might
be interesting in future studies to explore how children in the
beginning stages of learning cursive respond to a similar priming
paradigm.
Additional regions recruited after active learning
Further, when we directly compared active to passive learning
of cursive letters, greater recruitment of the bilateral insula and
claustrum was shown during the perception of actively learned
letters than passively learned letters. The left insula has been pre-
viously identified as a letter selective region during perception
of letters compared to perception of objects (Joseph et al., 2003)
and has been associated with letter naming (Joseph et al., 2006).
Recruitment of the left insula is typically thought to be reflec-
tive of phonological processing (Fujimaki et al., 1999; Borowsky
et al., 2006; Joseph et al., 2006). Although no auditory stimuli
were presented in this study, it is still possible that the recruitment
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of the insula seen here is reflective of phonological processing
if the children were sub-articulating the letters. Outright artic-
ulation is thought to involve the left insula (Baldo et al., 2011),
while the right insula has been linked to imagining articula-
tion of phonemes (Kato et al., 2007). Given the recruitment of
these regions in the present study, it is possible that following
sub-articulation of the letters, children were better able to phono-
logically process letters that they learned by writing than those
that they learned by observing an experimenter write. Further,
because the right insula was revealed when comparing printed
letters to passively and unlearned cursive letters, but not when
comparing printed letters to actively learned cursive letters, this
would suggest that writing practice has led to more similar neural
representation between printed letters and those letters learned by
writing.
Additionally, the insula and claustrum have been associated
with multisensory integration (Hadjikhani and Roland, 1998;
Naghavi et al., 2007) and postulated to act as a center for coor-
dinating sensory and motor information, both within and across
modalities (Crick and Koch, 2005). Interestingly, writing itself
is a multimodal act that involves sensory input, (i.e., the visual
feedback of the letter unfolding and the tactile sensations of hold-
ing a pencil or pen and touching paper) and motor execution.
In fact, the multimodal aspects of writing reflect the key differ-
ences between the active and passive learning conditions in this
study, so it would not be surprising if this difference manifests in
multimodal integration regions of the brain. Although the task
during the scanning session in the present study was not of multi-
modal nature, it is possible that just as letter perception has been
found to activate the motor cortex (James and Gauthier, 2006;
Longcamp et al., 2006b), other areas associated with writing may
also be reactivated. As the claustrum has not been implicated in
previous imaging studies of writing (James and Gauthier, 2006),
future studies are warranted to address the specific role of the
claustrum during writing.
Cursive letters and printed letters
Contrary to research findings in adults, the perception of cursive
letters did not differentially recruit any brain regions relative to
perceiving printed letters in our child participants. The results
reported by Longcamp et al. (2011), revealed several regions of
the adult brain that were recruited more for handwritten cursive
letters than for printed ones, but no regions that were recruited
more for printed letters. Several factors likely contribute to this
difference in research findings. The first is that adults have had
more extensive interactions with cursive letters. Whereas the chil-
dren in this study had roughly 30min of experience with the
cursive letters, adults likely learned cursive formally in school and
may even use cursive on a regular basis. In contrast, 7-year-old
children interact with printed letters regularly. All children in
this study received a score of at least 12 out of 15 on the print-
ing evaluation and were reading printed words at or above an
age-appropriate level, suggesting that these children were quite
familiar with printed letters. However, they were only able to
identify 56% of cursive letters prior to training. As a result, it is
not surprising that perception of printed letters recruited regions
more so than perception of cursive letters as children have much
more experience with printed letters and specifically, more motor
experience.
CONCLUSIONS
Self-generated production of cursive letters during learning led
to the recruitment of a sensori-motor network known to also
be active during letter perception and reading, however, passive
observation of a letter being formed did not. This finding adds
to the growing literature suggesting that self-generated writing
is important for setting up reading networks in the developing
brain. Nonetheless, perceiving cursive letters did not affect brain
activation any more than perceiving printed letters, suggesting
that the motoric production of text stimuli is the crucial factor
in creating this network, rather than the type of letter perceived
or produced.
ACKNOWLEDGMENTS
We would like to thank all of the children who participated in
this study, as well as their parents. Also Emily Thomas for assist-
ing in data collection and ourMR technicians Sean Berry, Colleen
McCracken, and Ben Pruce.
REFERENCES
Baldo, J. V., Wilkins, D. P., Ogar, J.,
Willock, S., and Dronkers, N. F.
(2011). Role of the precentral gyrus
of the insula in complex artic-
ulation. Cortex 47, 800–807. doi:
10.1016/j.cortex.2010.07.001
Barton, J. J. S., Fox, C. J., Sekunova,
A., and Iaria, G. (2010). Encoding
in the visual word form area:
an fMRI study of words versus
handwriting. J. Cogn. Neurosci. 22,
1649–1661. doi: 10.1162/jocn.2009.
21286
Berninger, B., Abbot, R., Rogan, L.,
Reed, E., Abbot, S., Brooks, A.,
et al. (1998). Teaching spelling
to children with specific learn-
ing disabilities: the mind’s ear and
eye beat the computer or pencil.
Learn. Disabil. Q. 21, 106–122. doi:
10.2307/1511340
Berninger, B., Yates, C., Cartwright, A.,
Rutberg, J., Remy, E., and Abbott,
R. (1992). Lower-level developmen-
tal skills in beginning writing. Read.
Writ. Interdiscip. J. 4, 257–280. doi:
10.1007/BF01027151
Berninger, V., W. Cartwright, A.
C., Yates, C. M., Swanson, H.
L., and Abbott, R. D. (1994).
Developmental skills related to
writing and reading acquisition
in the intermediate grades: shared
and unique variance. Read. Writ.
Interdiscip. J. 6, 161–196. doi:
10.1007/BF01026911
Berninger, V. W., Dunn, A., Lin, S.
C., and Shimada, S. (2004). School
evolution: scientist-practitioner
educators creating optimal learning
environments for all students.
J. Learn. Disabil. 37, 500–508. doi:
10.1177/00222194040370060401
Berninger, V. W., Rutberg, J. E., Abbott,
R. D., Garcia, N., Anderson-
Youngstrom, M., Brooks, A., et al.
(2006). Tier 1 and Tier 2 early
interventions for handwriting and
composing. J. Scl Psychol. 44, 3–30.
doi: 10.1016/j.jsp.2005.12.003
Berninger, V. W., Vaughan, K. B.,
Abbott, R. D., Abbott, S. P.
Rogan, L. W., Brooks, A., et al.
(1997). Treatment of hand-
writing fluency problems in
beginning writing: transfer from
handwriting to composition.
J. Educ. Psychol. 89, 652–666. doi:
10.1037/0022-0663.89.4.652
Berninger, V. W., Yates, C., and Lester,
K. (1991). Multiple orthographic
codes in acquisition of reading
and writing skills. Read. Writ.
Interdiscip. J. 3, 115–149. doi:
10.1007/BF00420030
Boone, D. R., and Friedman, H. M.
(1976). Writing in aphasia reha-
bilitation: cursive vs manuscript.
J. Speech Hear. Disord. 41, 523–539.
Borowsky, R., Cummine, J., Owen, W.
J., Friesen, C. K., Shih, F., and Sarty,
G. E. (2006). fMRI of ventral and
dorsal processing streams in basic
reading processes: insular sensitiv-
ity to phonology. Brain Topogr. 18,
233–239. doi: 10.1007/s10548-006-
0001-2
Bukach, C. M., Phillips, W. S., and
Gauthier, I. (2010). Limits of
www.frontiersin.org September 2013 | Volume 4 | Article 567 | 13
Kersey and James Brain activation after learning to write
generalization between categories
and implications for theories of
category specificity. Atten. Percept.
Psychophys. 72, 1865–1874. doi:
10.3758/APP.72.7.1865
Chao, L. L., and Martin, A. (2000).
Representation of manipulable
man-made objects in the dorsal
stream. Neuroimage 12, 478–484.
doi: 10.1006/nimg.2000.0635
Cohen, L., and Dehaene, S.
(2004). Specialization within
the ventral stream: the case
for the visual word form area.
Neuroimage 22, 466–476. doi:
10.1016/j.neuroimage.2003.12.049
Connelly, V., Campbell, S., MacLean,
M., and Barnes, J. (2006).
Contribution of lower-order
skills to the written composi-
tion of college students with
and without dyslexia. Dev.
Neuropsychol. 29, 175–196. doi:
10.1207/s15326942dn2901_9
Corcoran, D. W., and Rouse, R. O.
(1970). An aspect of perceptual
organization involved in reading
typed and handwritten words. Q.
J. Exp. Psychol. 22, 526–530. doi:
10.1080/14640747008401930
Crick, F. C., and Koch, C. (2005).
What is the function of the claus-
trum? Philos. Trans. R. Soc. Lond.
B Biol. Sci. 360, 1271–1279. doi:
10.1098/rstb.2005.1661
Dehaene, S., Pegado, F., Braga, L. W.,
Ventura, P., Nunes Filho, G., Jobert,
A., et al. (2010). How learning to
read changes the cortical network
for vision and language. Science
330, 1359–1364. doi: 10.1126/sci-
ence.1194140
Dunn, A., and Miller, D. (2009).
“Who can speak for the chil-
dren? Innovations in implementing
research-based practices in school
settings,” in Implementing Evidence-
Based Academic Interventions in
School Settings, eds S. Rosenfield and
V. W. Berninger (New York, NY:
Oxford University Press), 385–414.
Fujimaki, N., Miyauchi, S., Pütz, B.,
Sasaki, Y., Takino, R., Sakai, K., et al.
(1999). Functional magnetic reso-
nance imaging of neural activity
related to orthographic, phonolog-
ical, and lexico-semantic judgments
of visually presented characters and
words. Hum. Brain Mapp. 8, 44–59.
Gauthier, I., Skudlarski, P., Gore, J.
C., and Anderson, A. W. (2000).
Expertise for cars and birds recruits
brain areas involved in face recogni-
tion. Nat. Neurosci. 3, 191–197. doi:
10.1038/72140
Gauthier, I., Tarr, M. J., Anderson,
A. W., Skudlarski, P., and Gore, J.
C. (1999). Activation of the mid-
dle fusiform ‘face area’ increases
with expertise in recognizing novel
objects. Nat. Neurosci. 2, 568–573.
doi: 10.1038/9224
Graham, S., Berninger, V. W.,
Abbott, R. D., Abbott, S. P.,
and Whitaker, D. (1997). Role
of mechanics in composing of
elementary school students: a
new methodological approach.
J. Educ. Psychol. 89, 170–182. doi:
10.1037/0022-0663.89.1.170
Hadjikhani, N., and Roland, P. E.
(1998). Cross-modal transfer of
information between the tactile
and visual representations in the
human brain: a positron emission
tomographic study. J. Neurosci. 18,
1072–1084.
Hanley, J. R., and Peters, S. (1996). A
dissociation between the ability to
print and write cursively in lower-
case letters. Cortex 32, 737–745. doi:
10.1016/S0010-9452(96)80043-8
Hauk, O., Johnsrude, I., and
Pulvermüller, F. (2004).
Somatotopic representation of
action words in human motor
and premotor cortex. Neuron 41,
301–307. doi: 10.1016/S0896-6273
(03)00838-9
James, K. H. (2010). Sensori-motor
experience leads to changes
in visual processing in the
developing brain. Dev. Sci. 13,
279–288. doi: 10.1111/j.1467-7687.
2009.00883.x
James, K. H., and Atwood, T. P.
(2009). The role of sensorimo-
tor learning in the perception of
letter-like forms: tracking the causes
of neural specialization for letters.
Cogn. Neuropsychol. 26, 91–110. doi:
10.1080/02643290802425914
James, K. H., and Engelhardt, L. (2012).
The effects of handwriting expe-
rience on functional brain devel-
opment in pre-literate children.
Trends Neurosci. Educ. 1, 32–42. doi:
10.1016/j.tine.2012.08.001
James, K. H., and Gauthier, I. (2006).
Letter processing automati-
cally recruits a sensory-motor
brain network. Neuropsychologia
44, 2937–2949. doi: 10.1016/j.
neuropsychologia.2006.06.026
James, K. H., James, T. W., Jobard,
G., Wong, C.-N., and Gauthier,
I. (2005). Letter processing
in the visual system: different
activation patterns for single
letters and strings. Cogn. Affect.
Behav. Neurosci. 5, 452–466. doi:
10.3758/CABN.5.4.452
James, K. H., and Swain, S. N.
(2011). Only self-generated
actions create sensori-motor sys-
tems in the developing brain.
Dev. Sci. 14, 673–678. doi:
10.1111/j.1467-7687.2010.01011.x
Johnson, M. H. (2011). Interactive
specialization: a domain-general
framework for human func-
tional brain development? Dev.
Cogn. Neurosci. 1, 7–21. doi:
10.1016/j.dcn.2010.07.003
Joseph, J. E., Cerullo, M. A., Farley,
A. B., Steinmetz, N. A., and Mier,
C. R. (2006). fMRI correlates of
cortical specialization and gen-
eralization for letter processing.
Neuroimage 32, 806–820. doi:
10.1016/j.neuroimage.2006.04.175
Joseph, J. E., Gathers, A. N., and Piper,
G. A. (2003). Shared and disso-
ciated cortical regions for object
and letter processing. Cogn. Brain
Res. 17, 56–67. doi: 10.1016/S0926-
6410(03)00080-6
Kanwisher, N., McDermott, J., and
Chun, M. M. (1997). The fusiform
face area: a module in human
extrastriate cortex specialized for
face perception. J. Neurosci. 17,
4302–4311.
Kanwisher, N., and Yovel, G. (2009).
“Cortical specialization for face per-
ception in humans,” in Handbook
of Neuroscience for the Behavioral
Sciences, eds G. G. Berntson and
J. T. Cacioppo (Hoboken, NJ: John
Wiley and Sons Inc), 841–858.
Kato, Y., Muramatsu, T., Kato, M.,
Shintani, M., and Kashima, H.
(2007). Activation of the right
insular cortex during imaginary
speech articulation. Cogn. Neurosci.
Neuropsychol. 18, 505–509.
Lancaster, J. L., Rainey, L., Summerlin,
J. L., Freitas, C. S., Fox, P. T., Evans,
A. C., et al. (1997). Automated label-
ing of the human brain: a prelimi-
nary report on the development and
evaluation of a forward-transform
method. Hum. Brain Mapp. 5,
238–242.
Lancaster, J. L., Woldroff, M. G.,
Parsons, L. M., Liotti, M., Freitas,
C. S., Rainey, L., et al. (2000).
Automated Talairach Atlas for func-
tional brain mapping. Hum. Brain
Mapp. 10, 120–131.
Longcamp, M., Anton, J.-L., Roth, M.,
and Velay, J.-L. (2003). Visual pre-
sentation of single letters activates
a premotor area involved in writ-
ing.Neuroimage 19, 1492–1500. doi:
10.1016/S1053-8119(03)00088-0
Longcamp, M., Anton, J.-L., Roth, M.,
and Velay, J.-L. (2005a). Premotor
activations in response to visually
presented single letters depend on
the hand used to write: a study
on left-handers. Neuropsychologia
43, 1801–1809. doi: 10.1016/j.
neuropsychologia.2005.01.020
Longcamp, M., Zerbato-Poudou,
M.-T., and Velay, J.-L. (2005b).
The influence of writing
practice on letter recognition
in preschool children: a comparison
between handwriting and typing.
Acta Psychol. 119, 67–79. doi:
10.1016/j.actpsy.2004.10.019
Longcamp, M., Boucard, C., Gilhodes,
J.-C., and Velay, J.-L. (2006a).
Remembering the orientation
of newly learned characters
depends on the associated writ-
ing knowledge: a comparison
between handwriting and typing.
Hum. Mov. Sci. 2, 646–656. doi:
10.1016/j.humov.2006.07.007
Longcamp, M., Tanskanen, T.,
and Hari, T. (2006b) The
imprint of action: motor cortex
involvement in visual percep-
tion of handwritten letters.
Neuroimage 33, 681–688. doi:
10.1016/j.neuroimage.2006.06.042
Longcamp, M., Hlushchuk, Y., and
Hari, R. (2011). What differs in the
visual recognition of handwritten
vs. printed letters? an fMRI study.
Hum. Brain Mapp. 32, 1250–1259.
doi: 10.1002/hbm.21105
Lonigan, C. J., Burgess, S. R.,
and Anthony, J. L. (2000).
Development of emergent liter-
acy and early reading skills in
preschool children: evidence from
a latent-variable longitudinal study.
Dev. Psychol. 36, 596–613. doi:
10.1037/0012-1649.36.5.596
Naghavi, H. R., Eriksson, J., Larsson, A.,
and Nyberg, L. (2007). The claus-
trum/insula region integrates con-
ceptually related sounds and pic-
tures.Neurosci. Lett. 422, 77–80. doi:
10.1016/j.neulet.2007.06.009
Nakamura, K., Kuo, W.-J., Pegado,
F., Cohen, L., Tzeng, O. J. L.,
and Dehaene, S. (2012). Universal
brain systems for recognizing word
shapes and handwriting gestures
during reading. Proc. Natl Acad.
Sci. U.S.A. 109, 20762–20767. doi:
10.1073/pnas.1217749109
Nakatsuka, M., Thabit, M. N.,
Koganemaru, S., Nojima, I.,
Fukuyama, H., and Mima, T.
(2012). Writing’s shadow: cor-
ticospinal activation during
letter observation. J. Cogn.
Neurosci. 24, 1138–1148. doi:
10.1162/jocn_a_00205
O’Connor, R. E., and Jenkins, J. R.
(1999). Prediction of reading dis-
abilities in kindergarten and first
grade. Sci. Stud. Read. 3, 159–197.
doi: 10.1207/s1532799xssr0302_4
Oldfield, R. C. (1971). The assessment
and analysis of handedness:
the Edinburgh inventory,
Neuropsychologia 9, 97–113. doi:
10.1016/0028-3932(71)90067-4
Peverly, S. T. (2006). The importance of
handwriting speed in adult writing.
Frontiers in Psychology | Cognitive Science September 2013 | Volume 4 | Article 567 | 14
Kersey and James Brain activation after learning to write
Dev. Neuropsychol. 29, 197–216. doi:
10.1207/s15326942dn2901_10
Plaut, D. C., and Behrmann, M.
(2011). Complementary neural
representations for faces and words:
a computational exploration. Cogn.
Neuropsychol. 28, 251–275. doi:
10.1080/02643294.2011.609812
Puce, A., Allison, T., Gore, J. C., and
McCarthy, G. (1995). Face-sensitive
regions in human extrastriate cor-
tex studied by functional MRI.
J. Neurophysiol. 74, 1192–1199.
Qiao, E., Vinckier, F., Szwed, M.,
Nacccache, L., Valabrègue,
R., Dehaene, S., et al. (2010).
Unconsciously deciphering
handwriting: subliminal invari-
ance for handwritten words
in the visual word form area.
Neuroimage 49, 1786–1799. doi:
10.1016/j.neuroimage.2009.09.034
Richards, T. L., Berninger, V. W., Stock,
P., Altemeier, L., Trivedi, P., and
Maravilla, K. R. (2011). Differences
between good and poor child writ-
ers on fMRI contrasts for writ-
ing newly taught and highly prac-
ticed letter forms. Read. Writ. 24,
493–516. doi: 10.1007/s11145-009-
9217-3
Schlaggar, B. L., and McCandliss,
B. D. (2007). Development
of neural systems for reading.
Annu. Rev. Neurosci. 30, 475–503.
doi: 10.1146/annurev.neuro.28.
061604.135645
Stage, S. A., Sheppard, J., Davidson, M.
M., and Browning, M. M. (2001).
Prediction of first-graders’ growth
in oral reading fluency using kinder-
garten letter fluency. J. Scl. Psychol.
39, 225–237. doi: 10.1016/S0022-
4405(01)00065-6
Talaraich, J., and Tournoux, P. (1988).
Co-Planar Stereotaxic Atlas of the
Human Brain. New York, NY:
Thieme.
Turkeltaub, P. E., Gareau, L., Flowers,
D. L., Zeffiro, T. A., and Eden,
G. F. (2003). Development of
neural mechanisms for reading.
Nat. Neurosci. 6, 767–773. doi:
10.1038/nn1065
Wilkinson, G. S., and Robertson, G.
J. (2006). Wide Range Achievement
Test 4: Professional Manual. Lutz, FL:
Psychological Assessment Resources
Inc.
Williams, S. E. (1984). Influence
of written form on reading
comprehension in aphasia.
J. Commun. Disord. 17, 165–174.
doi: 10.1016/0021-9924(84)90009-1
Conflict of Interest Statement: The
authors declare that the research was
conducted in the absence of any com-
mercial or financial relationships that
could be construed as a potential con-
flict of interest.
Received: 26 June 2013; accepted: 09
August 2013; published online: 23
September 2013.
Citation: Kersey AJ and James KH
(2013) Brain activation patterns result-
ing from learning letter forms through
active self-production and passive obser-
vation in young children. Front. Psychol.
4:567. doi: 10.3389/fpsyg.2013.00567
This article was submitted to Cognitive
Science, a section of the journal Frontiers
in Psychology.
Copyright © 2013 Kersey and James.
This is an open-access article dis-
tributed under the terms of the Creative
Commons Attribution License (CC BY).
The use, distribution or reproduction in
other forums is permitted, provided the
original author(s) or licensor are cred-
ited and that the original publication in
this journal is cited, in accordance with
accepted academic practice. No use, dis-
tribution or reproduction is permitted
which does not comply with these terms.
www.frontiersin.org September 2013 | Volume 4 | Article 567 | 15
